26 Haykosi sicTi HTYY "KMI"

2014 /3

YK 577.1/3

C.B. T'opo6eus, JI.B. Copokina, T.B. OBcieHKO

ATPOBAKTEPIi K IIOTEHIIIMHI IIPOAYIEHTU MATHITOUYTJIVMBUX HAHOCTPYKTYP

The aim of the study was the identification of the homologues of the Mam proteins mediating the magnetite synthesis
of Magnetospirillum gryphiswaldense MSR-1 in the proteome of agrobacteria and their host plants. The identification
of the protein homologues was performed by pairwise alignment using the online-service BLAST. It was shown that
the strains of symbiotic and pathogenic agrobacteria (AB) that are able for the root nodules formation and their typi-
cal host plants could be potential producers contain the homologues of proteins indispensable for magnetite synthesis
(MamB, MamM, Mamand MamO) in magnetotactic bacteria (MTB). These homologues have a common ancestor,
similar folding and common functions with the respective proteins of MTB. Thus, the symbiotic and pathogenic
agrobacteria and host plants could be the potential producers of biogenic magnetic nanoparticles or magnetosensitive

nanostructures.
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Beryn

dopMyBaHHSI TYXJIMHHUX PO3POCTaHb KOpE-
HiB POCJIMH B YMCJIi psIIy YMHHUKIB MOXE OyTHU
CIIpUYMHEHEe MPOHMKHEHHSIM Y TKAHWUHU KOPEHiB
CUMOIOTMYHUX 1 maToreHHux arpobaktepiii (ADB),
SKi HajiexXaTb 10 poauHU Rhizobiaceae Ta Hacemns-
10Tb pusochepy rpyHry [1, 2]. CumbiotuuHi Ab
iHIYKYIOTh OyJIBOOUYKOIOAIOHI PO3pOCTaHHSI KOpe-
HiB 0000BUX POCIMH, BCEPEAMHi SIKMX BUSIBISIOTH
37aTHICTh A0 a3oTdikKcallii, 110 CHpUSIE a30THOMY
JKUBJIEHHIO POCJIMH Ta MO3UTUBHO BilOOpaXKaeTbCs
Ha ix BpoxaiiHocTi. Ilatorenni ¢opmu Ab crpu-
YMHIOIOTh HEOOMEXKEHUI 3M0SIKICHUIN PICT TKAaHUH
KOpEeHiB HU3KU IUIOJOBUX AEPEB, CiIbCbKOIOCIO-
JapChbKUX i JEKOPAaTUBHUX POCIMH Y BUIJSIII KO-
pOHYATHX TajliB, TepaTOM, “BOJIOXaTHMX KOpPEHiB”
oo [1, 2].

AHauni3z gaHux Jjitepatypu [3, 4] BKa3zye Ha Te,
110 MeXaHi3M MPOHUKHEHHSI B TKAHWUHU KOPEHiB
pPOCJIMH MaToreHHux i cuMmOioTmyHmux ¢opm Ab €
NomiOHMMM. AHI3OTPOIMHUI XapaKTep B3aEMOZil
KiaituH AB 3 pocimHHMMM KimituHamu [5, 6]
MOB’SI3yI0Th 3 HAasIBHICTIO Ha OJHOMY 3 TOJIOCIB
kinituHu AB Kucioro exksomnosicaxapuay MaHHa-
HOBOI mpuponu [7], 1m0 MOXe eIeKTPOCTaTUYHO
B3aEMOJIATU 3 HETaTUBHO 3apsSIIKEHUMM TpyHaMu
MOBEPXHEBUX JICKTUHIB POCAUHHOI KIIiTUHU. [Ipo-
Te (peHOMeH B3aemomil kiIiTmH Ab Mix coboio 3
YTBOPEHHSIM PO3ETKOMOMIOHNX CTPYKTYp [5, 6]
CBiIUUTH, 1110 B3aEMOJisI BiIOYBAETHCS Yepe3 KOM-
MOHEHTH TIOJIIOCY KJIITUHU, SIKi MIiCTATh 1€ ITOJTi-
caxapull, 110 He MOSICHIOETHCS €JIEKTPOCTATUYHOIO
B3aEMOJi€I0, TaK SK 3apsiiu OJHOIO 3HAKy Bil-
LITOBXYIOThCA. 3 iHIIOro 00Ky [8], HaOIWILIOK aK-
tiBHUX (popMm KucHIO (ADK) i TKaHWHHA TilTOK-
cisl, MoAiOHO SIK y pO3POCTAHHSIX KOPEHiB POCJIMH,
CYNPOBOIXYE HU3KY MATOJOTiYHUX MPOILIECIiB y Oa-

FaTOKJITUHHUX OpraHi3Max, 30KpeMa MyXJIWHHUI
piCT y ccaBliB, NMPUYOMY B HHUX DIIKOJITUYHUN
(eHOTHUN KOpeEIoe 3 HAaSIBHICTIO OiOreHHUX Mar-
HiTHUX HaHoyactTuHOoK (BMH) [9—11].

Moxnusicte cuHtesy bBMH y Ab Ta ix poc-
JIMH-TOCIIONAPIiB COUPAETHCS HE TUIBKKM Ha IIpalli
[12, 13], y siKMX TOKa3aHO BIUIMB MarHiTHOIO IO-
JISi HA PO3BUTOK MYyXJIMH y iH(pikoBaHux Ab poc-
JVH, a U Ha mpalli, sIKi MOKa3yloTh, 110 MeXaHi3M
cuHTe3dy bMH € 3arajbHUM [JI1 BCiX TPhOX LIApCTB
XKMBUX OpraHisaMmiB — Apxeii, I[Ipokapiot, Eykapi-
OT, IO MiATBEPIKYEThCS OaraTbMa (heHOTUIIOBU-
MU TiposiBamu [14]. To Toro X mpuHanexHicte Ab
o o-TIporeodakTepiii [2], cepenm sSKux € 0araro
MAarHiTOTaKCUCHUX BUIIB [15], TakoX MoXe CBif-
YUTHA Ha KOPUCTb HASIBHOCTI B KiIiTMHax Ab mar-
HiTHOI (pasu y Burasai bMH.

HaBenene Builie Aa€ MOXJIMBICTb MpPUITyCKa-
TH, 11O B OCHOBI B3aeMomii Ab Ta KIIITMH KOpeHiB
MOXYTh OyTM MarHITHi CHJIM, 110 BUHMKAIOTh MiX
MAarHiTOYyTJIMBUMM HaHOCTpyKTypamMu Ab i poc-
JIMH; a HaUIMIIOK pPeakUiliHO3AaTHOIO OKCHUIeHY
Ta iOHIiB 3aji3a ISl 3amoOiraHHsT OKCHUIATHBHOIO
CTpeCy MOXe TONAaTKOBO 3HELIKOMXYBATHCSI TOCH-
JICHHSIM CHMHTE3y HaHOYaCTMHOK OioMiHepalliB OK-
CUIIiB 3aJ1i3a.

IMpouec cuntesy BMH € Haiibinbil BuBYe-
HUM y OakTepill, sIKi 3MaTHi OpiEHTYBAaTUCh Y 30B-
HilIHLOMY MAarHiTHOMY IOJli — MarHiTOTaKCUCHUX
bakrepiii (MTDB) [15]. B ix knitnunax BMH 3oce-
peIXeHi B MarHiTocoMax, YTBOPEHHS SIKMX KOHT-
pOJIOEThCS OikaMu rpynu Mam, sKi MaloTh Tie-
PE€BaXXHO MEMOpaHHY JIOKaJIi3allil0 Ta KOMYIOThCS
cneuudiyHo AUISTHKOIO T€HOMY — MarHiTOCOM-
HuM octpiBueM (MO). Binbliowo Mipow wi OiIKu
oxapaktepu3oBaHo [16] it MTB Magnetospirillum
gryphiswaldense MSR-1. Buninsiorb IBa OCHOBHI
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Kinacu Mam-0inkiB: OGikM, 0€3 IKMX HEMOXIIU-
Ba OiomiHepanizaniss (MamA, MamB, MamM,
MamE, MamO, MamN) Ta peryasaTopHi OiIKH, 1110
KOHTpOJIIOI0Th po3mip Ta popmy (MamG, MambD,
MamC, MamF, MamP, MamR, MamS, MamT),
30MpaHHsl YaCTMHOK Y JaHLoxoK (MamK, MamlJ),
¢opMyBaHHSI BE3MKYJl HABKOJIO KpHCTaja OioMiHe-
paxy (MamQ, Maml, MamL) [15].

IMoiryk romonoriB 6inkiB MO M. gryphiswal-
dense MSR-1 y nporeomi AB Ta 3’sicyBaHHS iX
(byHKLI macTb MOXJIMBICTH OTPUMATH JOJATKOBIi
apryMeHTu sl (hOpMYJIIOBaHHS TiMoTe3u Ipo Lii
MiKpOOpraHi3amMu K MOXJIUBI npoayueHTy bMH.

ITocranoBka 3amauvi

MeTta goCiIKeHHSI — 3 BUKOPUCTAHHSIM Me-
ToAiB OioiH(opMaliiiHOro aHaji3y ineHTUdiKyBaTH
y npoteoMi AB Ta pociuH-rocnoaapiB roMoJioru
OinkiB Magnetospirillum gryphiswaldense MSR-1,
SIKi € KJIIOYOBMMM JIs1 OioMiHepasri3allii 0ioreHHuX
MarHiTHMX HAaHOYaCTUHOK.

Marepianm i MmeToau

bioingopmariiitHi  TOCTiIKEHHSI NPOBONWIA 3
BUKOPUCTAHHSM aMiHOKMCJIOTHMX ITOCJiMOBHOCTEN
npoteomy cumbiotnuHux Ab: Rhizobium legumino-
sarum (trifolii), Rhizobium lupini, Rhizobium japonicum,
Rhizobium giardinii, Rhizobium gallicum, Rhizobium
mongolense, Sinorhizobium fredii, Sinorhizobium meliloti,
Azorhizobium sp., Mesorhizobium amorphae, Mesorhi-
zobium loti. Takox Oy BUKOPUCTaHI ITOCTiZOBHOCTI
npoteomy itonatoreHHUX Ab — Rhizobium vitis S4,
Rhizobium radiobacter K84, Agrobacterium tumefaciens
C38, Agrobacterium tumefaciens S5A, Agrobacterium
tumefaciens F2. JlocnimkyBajid TakoxX ITPOTEOMU TH-
MOBUX POCIUH-TocnonapiB Ab Ha HasIBHICTb TOMOJIO-
riB 6iKiB Mam.

BupiBHIOBaHHS TPOBOAMIN TOPIBHIHHSM 3
aMiHOKMCJIOTHUMHU TIOCJiTOBHOCTSMU OiNKiB Tpy-
nu Mam M. gryphiswaldense MSR-1. Jlani mipo
aMiHOKMCJIOTHI TOCJIiZOBHOCTI, CTPYKTYpy, (i3u-
KO-XiMiuHi BJIACTMBOCTI Ta (DYHKIIii AOCHiAXyBa-
HUX OiNKiB Oynu B3ATi 3 0a3zu gaHux NCBI
(National Center for Biotechnological Infor-
mation) [17]. dxs OWiHKM CTyIIeHS NOMIOHOCTI
MEPBUHHOI CTPYKTYPU AOCHIIKYBaHUX OiJIKiB TpO-
BOJIWJIM TOINApHi BUPIBHIOBAHHS iX aMiHOKHWCJIOT-
HUX TIOCTiZOBHOCTEH, BUKOPUCTOBYBAIW BiIbHMI
y noctyni onHjaiiH-cepBic BLASTp (Basic Local
Alignment Search Tool for Protein Sequences) 0a-
3u gaHux NCBI [17]. Cepen KpuTepiiB BUPiBHIO-
BaHHS aMiHOKWCJIOTHUX TTOCTiIOBHOCTEM BpPaxoBy-

Baau E-uncio — IOKa3HMK, SKWUN BigoOpaxae
CTaTUCTUYHY 3HAYMMICThb BUPiBHIOBAHHS, Ta HUX-
ye 3HAUYEHHS SIKOTO BKa3ye Ha MEHIIW piBeHb
MposiBy hakTopa BUIAIKOBOCTI IMpU 30iry aMiHo-
KUCJIOTHUX 3alullIKiB OinkiB [17]. Takox olliHO-
Banu 3HayeHHs1 | (y %) — KinmbKOCTi imeHTMYHUX
aMiHOKMCJIOTHUX 3aJIMIIKIB OiNKiB, 1110 MOPiBHIO-
10Thed, i mokasHuK Query Cover (y %), 110 € Bin-
COTKOM MepeKpUBAHHSI aMiHOKMCIOTHUX TMOCiI0B-
HOCTeH, y MexXaX SIKOI IIPOBOAUTHCS BUPiBHIOBAH-
Hs1. MHOXWHHE BUPIBHIOBAaHHSI aMiHOKMCJIOTHUX
MOCJIiIOBHOCTEN OiJIKiB-rOMOJIOTIB 3AiliCHIOBAIN 3a
nonomoroo onHnaiH-pecypcy COBALT (Constra-
int-based Multiple Protein Alignment Tool) caiity
NCBI.

PesyabTaTé Ta iX 00roBopeHHs

IIpoBeneHmii OioiHpOpMaLlIiHMIT aHaJ3 BU-
piBHIOBaHb 0OinkiB MO MTDB M. gryphiswaldense
MSR-1 3 xommoHeHTamu nporeomy Ab mokasas
HasIBHICTb BIIEBHEHUX T'OMOJIOTIB KJIIOUOBUX OLJIKiB
biomiHepanizanii MThb — MamB, MamM, MamA,
MamO, MamE, MamN y HM3KM CUMOIOTUYHUX
Ta maroreHHuXx ADb, a TakoX THMIOBUX POCJIMH-
rocriogapiB cuMOioHTiB (Tabu. 1).

Pe3ynpTaT momapHUX BHUPIBHIOBAaHb aMi-
HOKHCJIOTHUX TMOCJIiTOBHOCTEN IPOTEOMY CHUM-
6iotnyHux Ab Ta 6inkiB MamB i MamM MTDb
M.gryphiswaldense MSR-1 cBiguate mpo Te, 110
BemunHM E-umcia mist BigIMOBIZHMX TOMOJIOTIB Y
Ab mepeOyBatoTh y miama3oHi Bim Se-14 (mnasg ro-
Mosiora Rhizobium lupini) no 9e-26 (y Rhizobium
vitis S4). binkam MamB i MamM s KoXHOro
JOCJTiIXKYBaHOTO 1ITaMy cUuMbOioTuuHuX Ab Biamo-
Biae Mo omHoMy OijnKy-romosiory. BennuuHu mno-
Ka3HuKa E-umcia mist romosoriB 6iika MamM e
OMM3BKUMHU A0 TakuxX it MamB Ta xKonmBaioThes
JUISL OLIKIB pi3HUMX IITaMiB cuMmOioTnyHUX Ab B mi-
amnasoHi Bin 6e-13 ms Rhizobium gallicum no 5e-21
y romosiora B mpoteoMi R. japonicum. KiabKicTb
IIEHTUYHMX 3aJIMIIKIB TIpY MOpPiBHSAHHI Oi1KiB MTh
Ta TOMOJIOTIiYHMX IM OUIKIiB CBiZUWTH PO TOMiOHI
MexaHi3Mu (pOpMyBaHHSI TIPOCTOPOBOI CTPYKTYPU
romosoriB MamB i MamM MTB y Ab. Anani3 ma-
HUX TIpo Oinkm, npencrasiaeHux B 6a3i NCBI, cBin-
YUTb MPO TOMIOHICTb CTPYKTYPHUX €JIEMEHTIB y iX
cKJami Ta 6JM3bKi 3HAUEHHSI TTOKAa3HUKA iX MOJIEKY-
JIIpHOI Macu, 10 nepedyBaloTh y Mexax 32,5—
50,6 x/la, 110 CHOPUYMHEHO pPi3HOIO JOBXUHOIO
1MTO30JbHOr0 C-KiHIIEBOTrO BapiabenbHOTO hpar-
MeHTa. binku-romosoru mMaloTh TpaHCMEMOpPaHHY
JloKasi3allilo Ta MICTSITh Y CBOEMY CKJai IIiCTb
BUCOKOKOHCEpBAaTUBHUX noMmeHiB Tuny CDF —
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Tabauysa. Tloka3HWMKM 3HAYMMOCTI BUPIBHIOBAaHb aMiHOKHMCIIOTHUX TOCHIIOBHOCTE OUNKiB rpymu Mam Magnetospirillum
gryphiswaldense MSR-1 i KOMITOHEHTIB TPOTEOMY CUMOIOTUYHMX Ta MaTOreHHUX AB i TMTIOBUX pOCIMH-TOCIIONAPIB

Ha3zga mram E-uncio (I, %/Q, %)
Y Mam A | Mam B | Mam M | Mam E | Mam O | Mam N
CuMOGioTMuHI arpobakrepii
Rhizobium leguminosarum 4e-09 le-20 le-14 3e-35 Se-14 0.12
(28/74) (28/83) (27/83) (37/62) (36/25) (25/35)
Rhizobium lupini* 2e-06 Se-14 2e-12 4e-36 5e-09 0.50
(27/93) (26/80) (30/70) (36/59) (29/25) (23/74)
Rhizobium Japonicum 7e-09 2e-20 Se-21 3e-37 7e-13 5e-06
(32/90) (32/79) (31/82) (41/58) (29/30) (23/54)
Rhizobium giardinii* 2e-06 4e-20 2e-17 2e-39 Se-10 0.015
(23/79) (25/93) (27/82) (47/53) (27/28) (29/26)
Rhizobium gallicum * 8e-10 2e-17 6e-13 3e-36 2e-13 0.079
(27/74) (26/83) (26/81) (37/41) (36/25) (33/14)
Rhizobium mongolense 3e-08 le-22 le-14 4e-38 Se-12 0.004
(27/71) (28/87) (25/86) (38/57) (35/25) (29/26)
Sinorhizobium fredii 8e-08 3e-21 Se-15 3e-37 4e-10 Se-04
(37/50) (28/92) (27/81) (49/53) (31/26) (32/26)
Sinorhizobium meliloti 9e-08 2e-19 9e-14 6e-37 3e-10 0.014
(27/69) (26/89) (27/81) (50/53) (28/37) (30/26)
Azorhizobium 4e-05 2e-18 3e-16 6e-39 1e-09 0.047
(28/63) (24/84) (26/85) (44/53) (30/25) (41/15)
Mesorhizobium amorphae 9e-10 6e-25 2e-19 8e-38 6e-11 2e-08
* (27/73) (27/91) (26/91) (40/57) (30/25) (24/61)
Mesorhizobium lofi 2e-10 4e-24 le-17 8e-38 3e-09 9e-10
(26/73) 27/91) (26/89) (42/58) (30/25) (23/92)
Ilatorenni arpobaxkrepii
Rhizobium vitis S4 4e-06 9e-26 Se-17 le-36 Te-12 9e-05
(25/85) (31/87) (26/88) (43/52) (32/26) (23/56)
Agrobacterium tumefaciens 2e-06 le-24 le-20 3e-36 2e-11 2.5
C58 * (26/93) (30/87) (29/86) (40/54) (27/38) (22/72)
Rhizobium radiobacter 7e-05 4e-22 3e-17 Te-36 4e-10 Se-04
K84 (28/51) (28/89) (28/90) (43/51) (33/25) (24/55)
Agrobacterium tumefaciens 2e-05 2e-19 2e-17 2e-36 2e-11 1.0
SA* (22/93) (29/87) (29/86) (37/58) (28/37) (23/72)
Agrobacterium tumefaciens 3e-07 le-19 3e-18 le-38 le-10 0.15
F2* (24/93) (29/87) (28/86) (38/59) (27/38) (23/53)
PocauHu-rocrnogapi CMMOIOTUYHUX arpobakTepiit
Cos kynbrypHa (Glycine le-07 Se-32 6e-28 2e-30 6e-06 3e-11
max) (24/73) (27/96) (30/80) (44/20) (24/28) (28/47)
KBacosns 3BuuaiiHa 6e-08 2e-31 4e-28 le-31 3e-06 3e-11
(Phaseolus sp.) (23/67) (27/89) (30/80) (44/20) (24/27) (28/43)
ThouepHa (Medicago) 9e-08 2e-10 2.4 le-32 le-06 4e-10
(22/73) (40/21) (20/12) (45/20) (23/26) (27/42)
Hyr (Cicer arietinum) le-08 le-30 2e-29 2e-31 5e-07 1e-09
(22/71) (26/89) (30/80) (44/20) (24/26) (26/89)

Ilpumimka: * TMOCTiIAOBHOCTI TEHOMY IOBHICTIO HE BCTAHOBJICHI.

cation diffusion facilitator (3 aHr1. — Ti, 10 cpu-  ABOBaJeHTHUX MeTaniB (Zn**, Co?*, Cd*"). [Moxni6-
SIOTh TIOJIETINEHIA Au@y3ii KaTioHiB) Ta CIpUYM- HICTh iNeHTU(iKOBaHUX OUIKIB cUMOiOTHYHUX AD
HIOIOTb ToJiepaHTHiCTe AB 10 Hammumky karionis A0 OinkiB MamB ta MamM MTD criBBiTHOCUTB-
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csl i3 BUSBIIEHUM 30irom ix ¢yHkuiit. Tak, wi 6in-
k1 y MTD € K1ouoBUMU UISI HAAXOMKEHHS y Mar-
HiTocoMy ioHiB Fe?", maworh y cBoeMy cKiami
LIiCTb TpaHCMEMOpaHHUX JOMEHIB Ta CalTU 3B’S-
3yBaHHSI JBOBAJIEHTHUX KAaTiOHIB BaXXKUX MeETaliB
[14, 15]. binku MamM i MamB Hanexatb 1o po-
auHn CDF-tpaHcnoprtepiB, 110 TOJETrIYIOTh IU-
¢ysito kationis (Zn**, Co?", Cd**, Mn**, Ni** i
Fe’") uepe3 MeMOpaHy 3 LIMTOILIA3MM y BHYTpIllI-
HBOKJIITUHHMIA, MepuILia3MaTUYHUil a00 IMo3aKJli-
TUHHUM TIPOCTip 3a AOMOMOTOI0 PYIIiIMHOI cuIu
MPOTOHHOTO IToTeHIiamy [12].

MoxHa MpUIYCTUTH, 11O TOJEPAHTHICTb CUM-
O0iotnuHux ADb 10 HagIuilKy iOHIB 3ajiza, sKi
MOXYTb OYyTM TOKCMYHMMM 4epe3 3MaTHICTb iHIy-
KyBatu peakiiro MDeHTOHA, MOXe peajizyBaTUC
SIK yepe3 BUBEACHHS 1X 3 KJIITMHM, TaK i OioMiHe-
pajizali€lo y BUTJISIAI KOBaJlEHTHUX CITOJYK 3ajli3a
(okcumiB). Ilpu mpomy romojioram OinkiB MamB
Ta MamM BigBOAUTLCSI BU3HAYaJIbHA POJib Y (DYHK-
LIiIOHYBaHHI LIbOTO PEeryJasTOpHOro mexaHizmy. He-
BEJIVMKWN Iialla30H KOJWBAaHb €BOJIOLIINHOI BiI-
craHi miasg romojioriB 'y CADB chiBBiZHOCUTBCS 3
noniOHMMU (YHKIisSIMU  OiJIKiB-TOMOJIOTIiB  (BTO-
PUHHUM TPaHCIOPTOM JBOBaJICHTHUX KAaTiOHIB 3a
1X yyacTi) Ta CBiTUUTb MPO BUCOKY KOHCEpPBATUB-
Hicth momeHiB CDF y Hux.

PesynbraTi GioiH(gopMaliiiHOrO aHai3y, I0-
MnepenHbo OTpMMaHi JIJII MiKpOOpraHi3MiB: MpoKa-
piot, apxeii, TpubiB, eyKapior, — y ()eHOTUIIOBOMY
nposiBi sikux BusiBieHo BMH, cBimuath mpo Te,
110 MPUCYTHICTh Y TPOTEOMi TOMOJIOTIB IIpUHANM-
Hi 118 uMx ABoX OinkiB M. gryphiswaldense MSR-1
€ JOCTaTHbOK YMOBOIO MOXJIMBOCTI cuHTesy bBMH
y LUX MiKpoopraHizmax.

Hani, HaBeaeHi B TaOJMLi, BKa3ylOTb Ha Ha-
SIBHICTb Y TIPOTEOMi CHUMOIOTMYHMX Ta IMAaTOr€HHUX
ADb 06inkiB, roMosorist sikux a0 Oiika MamA M. gry-
phiswaldense MSR-1 He € BukiwoueHoro. Ile Bu-
TUIMBa€ i3 3HaueHb E-4uciia, 1110 CTAaHOBJSITH Bif
2e-05 nns Agrobacterium tumefaciens 5SA 1o 9e-10
o romosiora Mesorhizobium amorphae. Takox
pe3yabTaTH, IO BKa3ylOTh Ha KiJBKICTh igeHTHY-
HUX 10 MamA aMiHOKMCIIOTHMX 3ajJMIIKiB Y TO-
MoJIorax, JalTb 3MOIY CTBEpIKyBaTu TpO HasB-
HICTb y HHUX CIIJIBHOTO MeXaHi3My (popMyBaHHS
TPETUHHOI CTPYKTYpU 3 MOTHMBAMM Yy BMIJISINi TET-
parpukonentuaHux nosropiB (TPR), ki npucytHi
y Bcix roMmoJjiorax Oika MamA [oCHiaKyBaHUX
wramiB Ab.

3 JgaHuMxX JTepaTypd BigoMO, IO OiIOK
MamA MTDb € HeoOXinHUM [J19 aKTUBallii MarHi-
TOCOMHOI BE3UKYJH, 110 Nepeaye TPaHCIOPTYBaH-
HIO B Hel KaTioHiB 3amiza [19, 20]. IIa akTuBauis

MOJISITAE B OINoOcepeaKyBaHHI (hopMyBaHHSI (DyHK-
LIIOHAJIbBHO aKTUBHMUX MYJIbTUOIIKOBUX KOMILJIEKCIB
y MeMOpaHi MarHirocoM, 30Kpema, oJjiiromepu3allii
6inkiB MamB i MamM. V 6inky MamA TPR mo-
TUBU (DOPMYIOTh CymepcCIipaib i CauTh AJIs TOMO-
oJliroMepm3aliii Ta B3aEMOZIl 3 IHIIMMU OUIKAMM.
IIi cTpykTypHi OCOOJMBOCTI IarOTh MOXJIUBICTb
LBOMY OiJIKy y 300pIli MYJIBTHOIIKOBUX KOMILICK-
CiB, COpPTYBaHHi OiJIKiB Ta MPOCTOPOBIiii iX OpraHi-
3auii [15, 19].

DyHKII OITBIIOCTI 3 MOCTIMKYBaHUX TOMO-
JioriB 6inika MamA M. gryphiswaldense MSR-1 3a-
JIMIIAIOTLCS HE3’SICOBAaHUMU Ta MOXYTh OyTU Tie-
pendadeHi 3 MPUCYTHOCTI B MOCIIZOBHOCTI JaHMX
romosioriB TPR-gomeHiB. ¥V kiituHax Rhizobium
mongolense ta Sinorhizobium meliloti GinKu-romo-
JIOTMU BMKOHYIOTHh (DYHKIIiIO afeHiNaTIWKIa3u, 1110
B3aEMoji€ 3 aganTepHUM G-0iIKOM Ta CUHTE3y€E 3
aneHo3nuHTpUdochopHolo Kuciaotorwo (ATD) BrO-
PUHHMI MeCeHIXep — UMKIIYHUI ageHO3UMHMO-
HogochaT. AAeHIIaTIMKIIa3a € KOMIIOHEHTOM CH-
CTeMU TpaHCMeMOpaHHOI Tiepefadyi eK30TeHHUX
curHajiiB y kiituHy. IIpucytHicte TPR-goMeHiB y
CKJai aaeHiIaTUMKIa3u € MpUTaMaHHOK O3Ha-
koo yume Ab [17]. Lle mae MOXJIMBICTb IIPUITYC-
TUTU, 1O MPU 3MiHIi YMOB CepeloBHIlA YU 3a il
MEeBHUX CTUMYJIIB, HACIiAKOM SIKUX MOXe OyTHh
cuHte3 bMH, MoxnuBe nepeMUuKaHHS MixX (PyHK-
LisIMM 11bOTO OifKa Ta 3MiHaA IOro Jiokajizalii y
KJiTuHi. Y Rhizobium japonicum ta Mesorhizobium
amorphae OiINTKU-TOMOJIOTU TIpEACTaBJICHI alleTHI-
JIIOKO3aMiH- Ta CyJab(poTpaHCcPepaso BidllOBiI-
HO, OCHOBHO0 (DYHKIII€IO SIKMX € CIpsbKeHa 3 (oJi-
JVHIOM TIOCTTpaHCsLiliHA Moaudikallisa OinKiB
[17]. BpaxoBylounm HaBeAcHE BHIIE, MOXKHa IIPU-
MMYyCTUTHU, 110 ToMojIoTH Oilka MamA y cuMOioTH4-
Hux AB MoxyTb OyTu 3aymydeHi y mpouec bMH,
Oepyum ydacTh B aKTMBAllil iHIINX HEOOXiTHUX IS
IIBOTO IIPOIECY KOMIUIEKCIB, iX 30ipili Ta MOJIEKY-
JIIpHIN mepenadi CUTHaJly 4yepe3 MPUETHAHHS 0
HUX TIEBHMX XiMiYHMX Tpyn (aleTWJIOBaHHS, CY-
JbyBaHHSI TOILO). AHali3 (iJloreHeTUYHOro Jne-
peBa, MOOyIOBAaHOTO HAa OCHOBI pe3yJIbTaTiB MHO-
)XKMHHOTO BUPIBHIOBaHHSI aMiHOKMCJIOTHUX TOCIi-
JIOBHOCTeU romoJioriB Oinka MamA M. gryphiswal-
dense MSR-1 y cumbiotnunux Ab Bkasye Ha Te,
1110, Ha BiAMiHY Bill JaHUX (iTOreHeTUUHOTro JAepeBa
romoJioriB 6ikiB MamB ta MamM, giana3oH eBo-
JIIOUIMHUX BincTtaHel I'pillivHa Bil ySIBHOTO KOPEHSI
I gepeBa roMoJioriB Oitka MamA MTD € 6inb-
LIKXM, IO MOXEe OYyTM MOB’SI3aHO 3 PO30iXKHOCTSIMU
y (pyHKIisIX OUIKiB-TOMOJIOTIB, iX MOJEKYJSpHiit
Maci Ta B aMiHOKMCJIOTHMX MOCJiZOBHOCTSX JJIsI
MeBHOro poay cuMmbiotTnuyHux Ab.
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IMopiBHsAHHS 3HaYeHb BiAnoBinHUX E-uucen
CBiIUUTHL MPO ONBLIUYI CTYIiHb TOMOJIOTiT KOMITO-
HEeHTIB TmipoTeoMy cuMbiotuuHux Ab g0 O6inka
MamE M. gryphiswaldense MSR-1, Hix OiJIKiB-
romoJsioriB MamO y Ab npu mpoBeneHHI BifIloBim-
HOro BUPiBHIOBaHHs. BcTaHOB/IEHO, 1110 TOMOJIOTU
0inkiB MamE i MamO y nporeomi Ab € 61u3b-
KMMHU 332 MOJIEKYJISIPHOIO Macolo, siKa KOJIUBAETHCS
y Mmexax 48,8—58,9 kJla, Ta mpeacTaBieHi oOJiiro-
MEPHUMMU TPUIICUHOMOAIOHUMU CEPUHOBUMMU TIPO-
teazamu poauHu Do/Deg/Htr, gki xapakTepusy-
IOTbCSI HasSIBHICTIO BMCOKOKOHCepBaTUBHUX PDZ-
momeHiB [20, 21]. DyHKIi€l0 LMX ITOMEHIB €
y4acThb B peakllil Ha TEIJIOBUIA ILOK, IIalepoHO-
nonioHa aKTUBHICTb, Ta Yy CKJaAi AOMEHIB LUX
npoTea3 € CallTU 3B’SI3yBaHHS TMoJinentumiB [22].
Y MTBb 6inku MamO ta MamE Bxoasth o ckja-
Iy MeMOpaHM MarHiTOCOM Ta € TPUIICMHOMOmiO-
HUMU CEPUHOBUMHU TIpOT€a3aMM, HEOOXiZTHUMU
JJIS. TIOCTTPAHC/SILIMHOTO J03piBaHHSI CEKPETOp-
HUX i MeMOpaHHUX OiKiB, OMOCepeKYBaHHS CUT-
HaJbHUX KacKadiB y BIiANOBiAb Ha KIITUMHHUMI
ctpec Tomo [15, 19]. BusHayanbHOIO € iX poib y
3a0e3MeyeHHi MPaBUJIbHOTO B3aEMHOIO MPOCTOPO-
BOTO PO3MillleHHS MeMOpaHHUX OiJIKiB y MeMOpaHi
MarHiTocoMu. TakoxX IIPUITYCKAETBCS iX POJb Y
CTBOPEHHi CTPYKTypM MiHepaly, OCKiJIbKM eKCIe-
PUMEHTAILHO J0BeaeHO [23], 1o Myrallii TreHiB,
1o kKoaywTb Oinku MamE ta MamO y MTD,
MNpU3BOASATH OO BTpaTU OioMiHEpaaoM KpuCTaliy-
HO1 CTpYKTypu abo no HezpaTHocTi MTDB cuHTesy-
Batu bBMH B3araui.

PesynbTaTn momapHux BUpPiBHIOBaHb aMiHO-
KMCJIOTHUX TIochigoBHOcTelr Oinkie MO MTb
M. gryphiswaldense MSR-1 (nuB. Tabiuiiw) 3
OiIKaMU pOCIUH-rocnoaapiB Ab BKa3yloTb Ha
HasIBHICTh BME€BHEHUX FOMOJIOTiB OUIKiB MamA,
MamB, MamM, MamE, MamO ta MamN y 4o-
TUPbOX BUAIB — coOi KyJabTypHOi (Glycine max),
KBacoJli 3BuYaiiHoOi (Phaseolus vulgaris), nouepHU
(Medicago truncatula) i uyry (Cicer arietinum). Bci
1Ii pOCIMHU € MpeacTaBHMKaMu poauHu bobOoBi Ta
MOJIEIbHUMU OpraHi3MaMu, sIKi YyTJIuBi 10 iHGIKy-
BaHHSI IIIMPOKUM CIIeKTpoM cuMbiotnuHux Ab [1].

JlaHi BiAIIOBIZHMX BUPIBHIOBAaHb BKA3yIOTh Ha
30ir K IMEpPBUMHHOI CTPYKTYpM, TaK i JOMEHHOTO
ckiiany OinkiB-romojiorieB Mam MTD y nux Bumis
pocivH. BapTo 3a3HauuTH, 110 TTOPiBHSHO 3 BEJIU-
ynHamu E-uucen nnsg romosoriB 6inkiB MamO Ta
MamA wMeHui 3HauyeHHSI 1IbOTO TOKa3HWKa JUIs
romosorieB MamB, MamM i MamE y pociauH no-
BOMSITh BHCOKY KOHCEpPBAaTUBHICTh JOMEHIB Y
CKJazdi 1ux OUIKIiB Ta X MPUHLMIIOBY POJib Y CHUH-
te3i BMH.

ITpu nopiBHSAHHI (yHKIIiM 6inkiB Mam M. gry-
phiswaldense MSR-1 3 BusiBneHuMu OiJTKaMu-To-
MoJjioraMy 0000OBHUX POCIMH BCTAHOBJIEHO ITOAi0-
HiCTh (DYHKIIi IS BiAMOBIMIHUX rOMOJIOTIB A0 OiJ-
kiB MamB, MamM, MamO, MamE, MamN
MTB. binku-romosoru MamB i MamM 3a6e3mne-
YyIOTb TOJEPAHTHICTh 1O JBOBAJIEHTHUX MeETaliB
(Co*, Zn**, Cd*"), a romonoru 6inkiB MamO ta
MamE € TpurncuHonogiOHUMuU CEpUMHOBUMMU ITPO-
teazamu. I'omosnoru Ginka MamN e arsB-noni0-
HUMM TpaHcropTrepamu 3 nomeHoMm Na*/H*-anrtu-
noprepa. Yci romosiorn 6inka MamA M. gryphis-
waldense MSR-1 y pocCiuH MICTITb y CBOEMY
cxiani motuBu TPR, anme BoHU acouiiioBaHi 3 0io-
Te€HEe30M TMEePOKCUCOM 1 PEryJsli€lo KIiTUHHOTO
LMKy, TOOTO iX (yHKIsI MOXe OyTu He TIIo-
B’s13aHa 3 OiomiHepaizanieiro BMH.

TakuM YMHOM, y TIPOTEOMi YOTHUPBOX POC-
JIUH, $IKi € TUMOBUMHU POCIMHAMU-TOCIIOAAPSIMU
1T cUMOiOTHUYHMX ADB, BUSBIEHO TOMOJIOTH OiJ-
KiB, NpUMHIUIIOBUX Wi cuHTedy bMH, mo nmae
3MOTY MPUITYCKATH HasIBHICTh Y KJIiTUHAX POCIWH-
rocriofgapiB CHMMOIOHTIB MarHiTOUyTJUBUX HAHO-
CcTpykTyp. Ha cborogHi He BioMoO, 4YM Ma€e Miclie
cuHte3 BMH y pociuH KOHCTUTYTMBHO, abo X
BiH 1HAYKYEThCS Yy BilMOBiIb Ha KJIITMHHUI CTpec,
HaUIMILIOK 3ajli3a, MOIIKOMXEHHS TKAaHWUH TOLIO.
Ha ocHoBi pe3yibTatiB 6ioiH(popMalliiiHOro aHaJi-
3y (romosoria Ta chiJibHi (yHKuii 6inkie CAD,
ITAB i 6060Bux pociuH 3 Oinkamu MO MTD)
BCTAQHOBJIEHO 3JaTHICTb cuMOioTMuHUX AB Ta ix
TUITIOBUX POCJIMH-TOCIIOAAPiB, a TakoxX (iToraro-
reHHux Ab BucTymatu NOTEHUIMHUMMU IIPOIYIICH-
taMu BMH abo MarHiTouymImBUX HAHOCTPYKTYP
(B T.4. MarHETUTOBMICHUX).

3 oagHoro OOKy, 3aaTHICTb Ab sk dakynbra-
TUBHUX aepobiB MpU 3MiHi CepeloBuIla iCHyBaHHS
(mpu mepexoi 3 IPyHTY B TKAHWUHU POCIUH) Tepe-
XOJUTU Ha OTPUMMAaHHSI €Heprii yepe3 aHaepoOHUI
MeTaboizMm [2]. [logo MTbB Binomo, 1110 B aepo0-
HUX YMOBaX BOHHU 3[aTHi Opi€EHTYBaTUCS y BiAIoO-
Bilb Ha MarHiTHe TII0jle, MPOTEe, HE CHUHTE3YIOThb
BMH [15]. V 3B’3Ky 3 LIUM BiIKPUTUM 3aJIMIla-
€TbCSI TIMTAHHS PO T€, YU MICTATh KJIiTUHU ADB B
aepoOHMX yMOBaxX MAarHITOUYTJIMBI CTPYKTypu abo
K HaOyBamTh IX BXe B MiKpoaepo@iIbHOMY OTO-
YeHHi.

MdeHoMeH aHi30TPOIHOI B3aeMomii KitituH Ab
MiX cO00010 y KYJbTYpi 3 YTBOPEHHSIM PO3€TKM, B
LICHTPi SKOI JIOKaIi30BaHi KUCJI moicaxapumm [5],
MOXe€ TIOSICHIOBAaTUCSI TPUTSATaHHSIM MAarHiTHUX
JIUIIOJIB, B TOM 4Yac SIK Ha MOYaTKOBMX eTamax iH-
¢ikyBaHHS KJIITUH KOpPEHsSI POCIUH MOXe BinbyBa-
TUCS SIK €JIeKTpOCTaTUYHA IMIIOJb-AUIOIbHA B3a-



MPOBNEMM BIONOTIT TA BIOTEXHONOTTT 31

€MO/Iisl TTO3UTUBHO 3apsiKEeHUX TPYIl ToJjicaxapu-
ny Ab Ta JeKTUHIB MeMOpaHu POCIMHHOI KJIiTH-
HU, TaK i CWJIM MAarHiTOOUMOJbHOI B3aeMoii (Y
Bunanky HasiBHocTi BMH sik y kinitunax Ab, Tak i
pociuH). [Ipucyraicte BMH He y Bcix BUIiB cuM-
oiotmuHux Ab Ta iX pociauH-rocnomapiB BKa3ye Ha
Te, 1110 OCTaHHiil 3 MeXaHi3MiB Moxe OyTu Jonat-
KOBUM 1 c(OpMYyBaTUCS BHACTIIOK KOEBOJIOLIl
pociauH Ta Ab s 3abe3nedyeHHs OibLIOl yCmill-
HOCTI cumOio3y. [lyst pocnuH, 10 YYTAWBI OO0 iH-
(bikyBaHHS TaToreHHUMU ADB, He BUSIBIEHO TOTEH-
miiHoi 3matHocTi o cuHTedy BMH. Ile mimTBep-
JIXy€E BiICYTHICTH KoeBomouili Ab i pocinH B 1IbO-
MY BUNAAKY.

Opnak dyHkuioHansHa poiab BMH arpobakre-
pili He OOMEXY€eTbCs JIMIle 3a0e3MeUeHHSIM B3aEMO-
SIKi TIOMJIMHAIOTLCS KIIITMHAMU CUMOIOTUYHUX ADB y
3B’SI3KY 3 HEOOXiJHICTIO CHHTE3y 3HAYHOI KiJIbKOCTI
JIETTEMOIIO0IHY, MOXe BMBOAMTUCS 3 KJIITUHU abo y
BUITISIAI OKCMIIB JIETIOHYBATUCS Y HaHOYACTMHKAaX
Oiominepany. lle 3MeHIIye KiIBKIiCTh i10HI30BaHOI
(opmu 3aniza, 1110 MOXKe BCTYIaTH y BiJIbHOpaIuKa-
JIBHI peaxilii, a 3 iHIIIoro OOKy, CIIpUsIE 3B’SI3yBaHHIO
KWCHIO, IKNit O6epe ydactb y popmyBanHi ADK, a B
MOJIEKYJISIpHIM (popMi TepelIKomKae a3oTdikcallii,
iHribyroun HitporeHasdy. Lleit mexaHi3M 3MeHILIEHHS
Bmicty ADK mae mictie i y MTB, amke Bimomo, 1110
npu GiocuHte3si BMH y MTDB 3MeHIlyeTbess KOH-
LIEHTpallisl iOHiB 3ajli3a B LIMTO30JIi i, SIK HACJIMIOK,
3MEHIIYEThCsT KibKicTh ADK [24]. TIpoTte ex3oreH-
HUI MarHeTUT, HE BKPUTUN 1IapOM OpPraHiyHOIO
marepiajly, TpUBOIUTb IO OKCUAATUBHOIO CTpecy B
KJIiTUHAX MpokapioT [24, 25].

Otxe, cunte3 BMH € omHuM 3 momaTKOBUX
MeXaHi3MiB peajizalii aHTUOKCUAAHTHOI (YHKIIil
Ta 3a0e3IMeueHHs] BUXKMBaHHS iH(IKOBAaHUX KJIITUH
pOCIUH, 110 MicTATh OakTepoinu Ab, B ymoBax
okcugaTuBHOro crpecy. [ToaioHuit MexaHi3M Moxe
peajtidyBaTucs i y mMyxJIMHAaX TBapWH i JIIOAUHMU, SIKi
MOPiBHSIHO 3 HOPMaJbHUMU TKAaHWHAMU XapakTe-
pU3YIOTBCS TIIBUIIEHUM BMICTOM MarHeTuty [26].
Takox onniew 3 ¢pyHkuii BMH Moxe Oyt mar-
HiTHa KOHLEHTpalisi e(GeKTUBHO MNapaMarHiTHUX
kommoHeHT. Tooro BMH MoxXxyTe sBIsITH COOOIO
BHYTPILLIHBOKJIITUHHY MAarHiTHy HaHOMAILMWHY ISt
YIIpaBIiHHSI TPAHCIIOPTHUMM MpoliecaMu 3a HasiB-
HOCTi TlapaMarHiTHuUX abo e(heKTMBHO Mapamar-
HITHUX KJIACTEPHUX KOMIIOHEHT, B T.4. pearcHTiB
i/a00 TIPOMYKTIB OIOXIMIYHMX peakIliii.

Bimomo, mo B xiitnunax MTb BMH wmarne-
TUTY KOJIOKaJi30BaHi 3 KOMIIOHEHTaMU KJacTep-
HOro Tuiy (TpaHy/ju, BEe3UKYJIu, BakyoJi), 30ara-
YeHUMU KHCHEeM, cipkoto Ta dochopom [24]. s

IIPOCTOPOBA JIOKaTi3allisl KJIacTepHUX KOMIIOHEH-
TiB, 110 MICTSITh ITapaMarHiTHI CITOJIyKM, MOXe Oy-
TU pe3yJbTaTOM iX MarHiTHOro 3aXOIUIEHHS B Jia-
MarHiTHoMmy cepeaoBuilli. HeomHopinHuit po3noain
KOHLEHTpalii 3apsakeHuX e(eKTUBHO MapamMar-
HITHMX KOMIIOHEHTIB B OKOJIi HaMarHiueHoi Jac-
TUHKM € TaKOX JKEPEJIOM CTBOPEHHSI KOHLIEHTpa-
LIiAHOI eNeKTpopylliiiHOI cuiu. Y 3B’A3Ky 3 UM
BJIACHI HEONHOPiAHi MarHitHi mojas BMH MoxyTb
BIJIMBAaTX Ha IIBUAKICTb Ta 3yMOBJIIOBATU aHi30T-
pomito OGioXiMiYHMX peakliil, HaUIMOBiIbHIILION
CTaJi€l0 SIKUX € HAAXOIKEHHS peareHTiB y KJli-
TUHHUI KoMnapTMeHT [20]. Ile mMoxe CripuuuHsI-
™M iHTeHCcH((pIiKallifo MeTabOIIYHMX IIPOIECIB, Y SKi
3ajydeHi docdop, cipka, Kaubliii y OakTepoimax
cuMbiotnuHux Ab i KJiTHHaAX iH(piKOBaHUX HUMU
pociauH. TakoxX 1IMM MOXe TOSCHIOBATUCS OIMca-
Huil y [12, 13] edekT 3pocTaHHsI KiJIbKOCTi iHIY-
KoBaHMX ADbB po3pocTaHb KOpPEHIB POCIMH-TOC-
MojJapiB y ABa—TpU pa3u Ta IMOCUJICHHS iHDiKy-
BaHHs KopeHiB Ab mipu aii marHiTHoro noss. o-
clligKeHHsI (DeHOTUMOBUX TMPOSBIB CUMOIOTUYHUX i
nmatoreHHUX Ab Ta ix pociauH-rocnomapiB IacTh
MOXJIUBICTh TEPEeBIpUTH MPUMYLIEHHS CTOCOBHO
iX 34aTHOCTI CHMHTE3yBaTW OiOTeHHi MarHiTHI Ha-
HOYACTUHKU Ta 1X MOXJIMBUX (PYHKIIIM.

Bucnosku

ITpoBeneHi mocaimkeHHs CBiIyaTh, 110 IUTaMU
cumbioTnuHux Ab, 3gaTHUX 10 (opMyBaHHS OyJib-
0OUOK KOpPEHiB POCIMH, a TaKOX TWIIOBi MpEaCcTaB-
HUKU pOCIMH-TOocronapiB Ab MoxyTb OyTH MOTEH-
LIAHUMM TOpoAyLIeHTaMU OiOT€HHMX MArHiTHUX Ha-
HouacTuHOK (BMH), abo MarHiTou4yTJIMBUX HaHO-
CTPYKTYp, amke Bci O0iku reHiB MO MTDb Magneto-
spirillum gryphiswaldense MSR-1, 0e3 sIKUX HEMOX-
muBa BMH naHouacTtuHOK, a came MamB, MamM,
MamE ta MamO, MaioTh BUCOKHWIA CTYITiHb TOMOJIO-
rii 3 6ikamMu cuMOioTnuHMX Ab Ta pociuH i xapak-
TEPU3YIOThCS MOAIOHUMM (QYHKIIISIMMU.

IMItamu Ab, 3matHi 10 ¢GOopMyBaHHS MyXJIUH-
HUX PO3pPOCTaHb KOPEHIB POCJIMH, Ha BiAMiHY BiJ
HemaToreHHux ITaMiB Ab, MOXyTb OyTH IIOTE€H-
witHuMu npoayueHtamMmyu bBMH 3aBasiku HasiBHOC-
Ti B IPOTEOMi FOMOJIOTiB KJIOUOBUX OiJIKiB CHUHTE-
g3y bBMH y MTb — MamA, MamB, MamM,
MamO, MamE.

Y 3B’I3Ky 3 LIMM IEepPCIEeKTUBHUM € IIPOBE-
JNEHHs TOJAJbIIMX IOCTiIKEeHb MarHiTOUYyTJIUBUX
HAHOCTPYKTYp SIK OIHOTO 3 (heHOTUIIOBUX IPOSIBiB
AD Ta BIUIMBY MAarHiTHUX IIOJIiB pPi3HOI iHT€HCHUB-
HOCTi Ha e(eKTUBHICTh iH(IKyBaHHS POCIMH ar-
poOaKTepisIMU i YTBOPEHHSI PO3POCTaHb KOPEHIB.
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